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VJIK 576

MEXAHU3MbI ®OPMUPOBAHUA IK3UHBI U UX
S3HAYEHME I MHOTI'OOBPA3USA CTPYKTYPhBI

HU. T a6apae6al, B.B. I] puzopbeeaz, 11A. UuHMaH3

[TosrydeHBl CBHAECTENHCTBA, YTO TEHOM M CAaMOOPTAaHU3ALMS Pa3AENsIOT KOHTPOJb
HaJ| pa3BUTHEM 3K3WHBI. VI3BECTHO, YTO CaMOOPTAHU3ANMS UTPACT 3HAYUTEIBHYIO POJIb

B KUBOU NpUpPOJE.

Ee ponps Kak ABMXKYyIIEH CHIIBI B Pa3BUTHH CHOPOJACPMBI OUEBHIHA.

OxHUM U3 NPEeNMYINECTB, IPEAOCTABISIEMBIX CAMOOPTaHNU3ANMEH, ABISIETCA BBICOKHUH
YPOBEHb M3MEHUYMBOCTH, BHYTPEHHE NPHUCYIINI HEIWHEHHBIM cHUCTeMaM. JTO JAEJaeT
CaMOOPTaHU3AINI0 Ba)KHBIM HHCTPYMEHTOM 3BOJIOIUH.

KaroueBble ciioBa: Pa3BUTUEC DK3UHBI, KOHTPOJIb U JIBHIXKYIIIas CHUJia, CaMOOPraHu3anus.

VYnuBuTENEHOE OHMOIIOTHYECKOE MHOT000pasne
CIIO)KHO YCTPOGHHOW CIOpoAepMbl (MHOTOCIIOM-
HOUM 000JIOUKM TBIIBIEBBIX 3€PeH U CIop) — 00b-
eKT u3yueHus nanuHonaoruu. OIHAKO UCCIIe0BaHUE
Pa3BUTHSI ITOH CTPYKTYpBl TPEICTABISET OOUIUI
HWHTEpeC JUIsi OMOJIOTOB, TaK KaK 371eCh BO3MOXHO
npocieauTs «MopdoreHes B munuariope» (Heslop-
Harrison, 1972), ynoBuUTb 3aKOHOMEPHOCTU Pa3BH-
THSI CTPYKTYPBI OT MPOCTOTO K CIOKHOMY 32 KOPOT-
kuii mepuon. Kpome Toro, B Xome pa3BUTHS 4acTO
BBISIBIISIIOTCSL XapaKTEPUCTHKH CTPYKTYP MIIH LIEJbIe
CJIOM CIIOPOJIEPMBI, KOTOPbIE HE 3aMETHBI B 3PEJIbIX
MBUIBIEBBIX 3€pHAX M CIOpax, HO KpaiiHe Ba)KHBI
st (QUIOTEHETHYECKUX M CHUCTEMAaTHYECKHX BBI-
BO/0B. OHTOTr€HETHYECKHE HCCIEIOBAHUS CIOPO-
JE€pMbI OBbUTH Ha4aThl 32 PyOEKOM OJHOBPEMEHHO C
pa3BUTHUEM TPAHCMUCCHOHHOM BIIEKTPOHHOU MUKPO-
ckortuu (Dahl et al., 1957; Rowley, 1963; Rowley,
Flynn, 1968; Heslop-Harrison, 1963, 1968a,b;
Heslop-Harrison, Dickinson, 1968, 1969), a 3arem
OBUIM TIPOJIOJKEHBI MHOTOYHCIICHHBIMH MOCJICI0BA-
tensimu (cM. 0030p B Blackmore et al., 2007). B Ha-
el CTpaHe OHTOTEHETHYeCKasi MaJMHOJIOTHs Oblia
nHuIMupoBana padoramu H.P. Meiiep u coaBTopoB
(Meiiep, 1971, 1977; Metiep, bepnapn, 1970, 1973;
Meyer and Yaroshevskaja, 1976; Meiiep-Menuksu
u ap., 2003, 2004), a raxxe C.A. Pesaukosoii (1972,
1975, 1984; Reznikova, Willemse, 1980; Reznikova,
Dickinson, 1982) u T. [I. Cyposoii (1981, 1985).
OcoOenno Baxno, uro H.P. Meliep-MenuksiH Boc-
MUTajla LEIylo MJIesAy YUEHUKOB (110 CYTH, HIKOIY),
KOTOpBIE YCIIEITHO pa0OTAIOT B OOJACTH IMajeonain-
Honoruu (Zavialova, Gomankov, 2009; Zavialova
et al., 2004, 2010a,b, 2014; Tekleva et al., 2006;

Zavialova, Stephenson, 2006); Tekleva, Krassilov,
2009; Zavialova, van Konijnenburg-van Cittert,
2011,2012, 2016; Zavialova, Turnau, 2012; Tekleva,
2015; Tekleva et al., 2015; Tekleva, Haselwander,
2016; Zavialova, Karasev, 2016), a Taxxe B 00ia-
CTH MOP(DONIOTHH U YIABTPACTPYKTYPHI CIIOPOICPMBI
(Tekleva et al., 2007; Volkova et al., 2013; Yurtseva
et al., 2014; Denk, Tekleva, 2014; Tekleva, 2016).

OHTOreHETHYECKOE HampaBicHUE OBLIO MPOIOI-
xeno Hamu (I"abapaesa, 1986a,0, 1987a,0,8, 1990a,0,
1991, 1997, 2001; TI'abapaeBa, Xomcmu, 2010;
I'puropresa, I'abapaeBa, 1998, Gabarayeva, 1991,
1995, 1996, 2000, 2014; Zavada, Gabarayeva, 1991;
Gabarayeva, Rowley, 1994; Gabarayeva, El-Ghazaly,
1997; Gabarayeva and Grigorjeva, 2002, 2003, 2004,
2010, 2011, 2012, 2014, 2016; Gabarayeva et al.,
1998, 2003, 2009a,b, 2010a,b, 2011a,b, 2013a,b,
2014; Grigorjeva, Gabarayeva 2015; Gabarayeva
et al., 2016a,b) ¥ MOCKOBCKMMH HCCIIEA0BATEII-
mu (Zolala, Polevova, 2009; Marseesa u ap., 2012;
Bonxkosa u np., 2012; Volkova et al., 2013; Polevova,
2015; Volkova et al., 2017). B nacrosiee Bpems B
Poccrn OHTOTEHE30M CIIOPOACPMBI 3aHUMACTCS TOJb-
Ko Hamra rpymnmna, Bkirouas B.B. Ipuropseny (CII0,
BUH PAH) u C.B. [lonesoBy (MockBa, MI'Y), uto
0TYaCTH 0OBICHACTCS 0CO00H TPYTOEMKOCTBIO 3TO-
ro METOja, TPEOYIOIIEro HaX0XKJICHHs U 00paboTKH
MaTepuajga Ha MHOTHX CTaausX pa3BuTus (0e3 ux
npomnycka). Heobxonnma ¢ukcanus MaTepuana B Te-
YCHUE HECKOJIbKMX JICT, @ MHOINA ACCATHIICTHH, KaK
9TO OBIIO ¢ BUJOoM Persea americana (Gabarayeva
et al., 2010a).

B 60-90-e ronpr XX B. pa3BUTHIO CHOPOAEPMBI
(000JIOYKH TBIIBIEBOTO 3€pHA) OBLIO MOCBSIICHO

1
l'abapaeBa Huna Mnpunuuna — Bex. Hayd. coTp. borannueckoro mnctutyra um. B.JI. KomapoBa PAH, nokrt. 6mon. Hayx
- 2
(1906ng@mail.ru); “ I'puropreBa Banentnna BuxkropoBHa — 3aB. nab. nanuxonorun boranunueckoro uucrutyra uM. B.JI. Komaposa
o . 3
PAH, kann. 6uon. Hayk (mikhailov_val@mail.ru); ° Huaman Iletp AGpaMoBHY — Bea. MH)KEHEp-CIENHAINCT boraHnmdyeckoro

nuctutyta uM. B.JI. Komaposa PAH (petr.cinman00@mail.ru).



62 BIOJI. MOCK. O-BA UCIIBITATEJIEH ITPUPOJBIL. OTJ]. BUOJI. 2017. T. 122. BBIII. 4

MHOTO OHTOT€HETHYECKHUX YIbTPACTPYKTYpPHBIX HC-
cnenoBanuii. Heo6xonnmo ObLIO MpOCIenTh 32 pas-
BUTHEM STOW OOOJIOYKH, MOHSTH MPOIECCHI, COMPO-
BOJKIAIOIINE BOZHUKHOBEHHE €€ XapaKTepHOU Tpex-
MEPHOM CTPYKTYpPbl U CKYJIBITYPBI. YCTaHOBJICHO,
YTO BCE OCHOBHBIE IIPOIIECCHI PA3BUTHS CIIOPOJCPMBI,
OTIPENIeISIFOIINE PUCYHOK SKTIK3HHBI, TPOUCXOAAT B
TETPaJHOM IE€PHOJE Pa3BUTHA, B Y3KOM IEpHUILIA3-
MaTHYECKOM TPOCTPAHCTBE MEXKy KaJUIO3HOW (WITH
WHOW) 00O0JIOYKOM TETPajbl U MIa3MaTHUYECKONH MeM-
OpaHoli MUKpocTiop/criop, Tae GopMHUpyeTCs TIHUKO-
MPOTEHHOBBIA (C JT00ABJICHUEM JIUIIOOJIMCAXaPHU-
noB) rukokanuke (Pettitt and Jermy, 1974; Rowley
and Dahl, 1977; Pettitt, 1979), unaue Ha3pIBaeMbIi
npuMdIK3uMHOBBIM ~ Matpukcom  (Heslop-Harrison,
1968b; Dickinson, 1976). IlepBs1ii TepMHUH OTpaska-
€T ero XMMUYECKUI COCTaB, a BTOPOH MOTYCPKUBACT
TOT (PaKT, YTO ATOT CJIOU MPEACTABIIET COOON OCHO-
By (CBOETO pojia CTPOUTENbHbIE Jieca) it HopMHUpO-
BaHMs HK3MHBL. Hanbosee BaxkHyro poib As aeTep-
MUHAIMA CTPYKTYphl Oymymied SKTIK3HHBI HTPaeT
UMCHHO TE€TPaJHBIIA MEPHOI, @ B IOCTTETPAJTHOM IIe-
pHUOE UIET JHIIb YTONIICHHE 3JIEMEHTOB YKTIK3UHBI
BCJICICTBHE MACCOBOTO OTJIIOKEHUS CIIOPOIOJIIICHH-
Ha, a TAaKXKe MPOUCXOAUT (HOPMHUPOBAHHE IHIIK3UHBI
(Heckonbko MHAasg — HeHTpudyranbHas — MOCIe10Ba-
TENBHOCTh 3aJIOKCHHS CJIOEB JK3MHBI M 000JI0YeK
TETpaja XapakTepHa UL CHOP CIOPOBBIX PACTEHUI)
(Gabarayeva and Hemsley, 20006).

MexaHu3Mbl GOPMUPOBAHMS IK3UHBI

HecMmoTpss Ha MHOTOYHCIIEHHBIE HCCIIEIOBaHMUS,
3HaHHE O MEXaHU3MaxX BO3HHMKHOBEHHUS MHOTrooOpa-
3UsSl APXUTEKTOHUKHU SK3UHBI OCTABaJIOCh CKYIHBIM.
Kak Bo3HuKkaet 3T0 MHOrooopasue? Yacro Habo/a-
emMasi BUAOCHIEU(PUIHOCTh PUCYHKA K3UHBI Mpe-
1ojaraeT TeHOMHYIO JIeTePMUHAIMIO MaTTepHa JK-
3unbl. [IpoBenenue padot ¢ myrantamu Arabidopsis
thaliana (nanpumep Ariizumi and Toriyama 2011;
Dobritsa et al., 2011; Quilichini et al., 2015) no3Bo-
JWJIO YCTAaHOBUTH, YTO B PAa3BUTUU IK3WHBI IPUHU-
matot yuactue 6osee 100 renor (Blackmore et al.,
2007). Opnaxo 1Mo Mepe HakoIUIeHHs (aKTOB CTAIO
SICHO, YTO Heumo BMEIIMBAETCS B TOUHBIE U MPSIMbIE
yKa3aHUS TeHOMa, MPHUBOMS K MOSBICHHIO CXOIHBIX
NaTTepHOB y TEHETHUECKU JATICKUX TAKCOHOB U Pe3-
KO pa3MYHBIX MAaTTEPHOB Yy T'€HETUYECKU OJIM3KUX
BUJI0B. BriepBbie MHEHHE O MPHUPOJIE ITOTO 3aragoy-
HOTO (pakTopa ObIIO BhIckazaHo Heslop-Harrison
(1972) u T'epacumoBoii-Hapammnoit (1973): oHu
HPEAMNONIOKIIN, YTO 3TO (PU3UKO-XUMHUYECKUE IPO-
LIECChl CaMOOPraHu3aluu. DTH MPOIECCHl HOCST He-
TUHEHHBIA (CMIAaCTUYECKUI) XapakTep: MpU BechbMma
CYLIECTBEHHOM H3MEHEHUH IapaMeTpOB B TaKHUX

CHCTEMaxX MOXKET He TMPOMCXOIUTh HUKAKUX U3MEHe-
HUH, a IpU MajielIeM U3MEHEeHUU (Hampumep, KOH-
ICHTPAIMK BXOMSAIIMX BEIIECTB) CTPYKTypa CHCTE-
MBI MOKET CKa4KOOOpPa3HO H3MEHHUTHCS.

Ota waes ObUIa MOIXBa4eHAa W TONyYHIIA pas-
Butne (Hemsley et al., 1992; Gabarayeva, 1993;
Collinson et al., 1993; Hemsley et al., 1994, 1996),
a mo3aHee ObUIA MpeJUIOKeHa runore3a (GopMupoBa-
HUS DK3WHBI B MUIEIUBIPHOW CHUCTEME MEepUILIa3Ma-
THYECKOTO MPOCTPAHCTBA CIIOP/MUKPOCIIOP KaK KOJI-
nougHoro kpuctamia (Gabarayeva, Hemsley 2006;
Hemsley, Gabarayeva 2007). Munesmibl (Hagmote-
KyJISIpHBIE arperarbl JUQHIBHBIX BELIECTB, y KOTO-
PBIX «TOJOBHAS YacTh» MOJEKYIBI THIPO(DUIbHAL, a
«xBocT» TUAPO(OOHBINH) 00pa3yroTCs MyTeM caMo-
OpTaHM3alUHU B PACTBOPAX MMOBEPXHOCTHO-aKTUBHBIX
BEIICCTB MPU TOBBIMICHUH MX KOHIIEHTpAIUU. JTa
ujes BO3HUKIA M3-3a CXOACTBA OCHOBHBIX MCXO[-
HBIX 3JE€MEHTOB HSK3WH BCEX BHUJOB PACTCHUH U
a3 mumenn (tounee — Me3odas, T.e. niceBaodas).
Me3sogasa — arperaTHOE COCTOSIHUE BEILECTBA, MPO-
MEXYTOUHOE MEXKIY JKUIAKOCTHIO U TBEPIBIM TEJIOM.
Bce mHOTrOOOpasue 3K3MH CKIAABIBACTCS U3 PAa3HBIX
COYETAaHUH BCETO JINIIb HECKOIBKIX «CTPOUTEIBHBIX
AJIIEMEHTOBY: cepruuecKux (TpanyJibl), TAIOUYKOBHU/I-
HBIX (CTOJIOMKHU, U30THYTHIE CTOJIOUKH, NJTUHHBIC U3-
BUTBIC CTOJIOUKU — «BEPMHUIICIUHBI»), CJIOEB Mapali-
JIeJIbHBIX (M HE OY€Hb) APYT APYTY CTOJIOUKOB, TOMO-
TeHHBIX (M HE OYCHb) CJI0eB WM Habopa namen. Yto
K€ BO3ZHUKACT B MUIICIULIPHBIX CHCTEMax IO Mepe
NOBBIIICHUST KOHIIEHTPAIIUH BXOASAIUX BemecTB? Te
e caMmble CTPYKTYpbI: CHadayia cepuueckue Mu-
uesutbl (mepsast Mezogasza); OHM MpeoOpaszyloTcs B
HUJIUHIpUIEeCKHe (BTopast Me30¢asa); 3aTeM IT0sBIIs-
1oTcst MO0 CJIOM TapallieNIbHBIX MPSIMBIX/U30THY-
THIX HUJIUHIPOB-CTOJIOMKOB (reKcaroHajdbHas Me-
30¢aza), 100 JUTMHHBIC U3BUTHIC NTHYPHI (CTPUH-
T'H); 3aTeM JIaMHUHATHBIE MHIIEIUIBI (TUTacTUHYATas
Me30dasza) — OUCIIou, pa3aeliCHHBIC ITPOMEKYTKOM
C MOJIEPKUBAIONIEH KUIKOCThIO. [IBE mocinennue
Me30(]a3bl KUIKOKPUCTATUINICCKHUE.

OTO mMOpa3uTeNbHOE «IepelpasHUBAHUE» OC-
HOBHBIX DJIEMEHTOB 3K3MH B 00JIACTH MHLEIUIIPHON
CcaMOOpraHM3aluy KOJUIOMIOB HE MOKET OBITH CIIy-
yaiiHpIM. Hamm monpoOHBIe MCCIeTOBaHUS pa3BU-
THUSl CIIOPOJICPMbI PACTEHUH M3 OTIAJICHHBIX TPYII
(oxomo 30 BMAOB) MOKa3ajdu, 4TO Y BCEX Pa3BUTHE
IPOXOJIUT 110 OJJHOMY TUIaHy, HO C BApUAIIMSIMHU: B Ha-
YaJie TeTPaJHOro MEeproAa, KOrAa 3apoKIaeTCsl IIIH-
KOTIPOTEHHOBBIN TIIMKOKAIUKC (OCHOBA JJISl pa3BUTHUS
CTIOPOJICPMBI), TIOSBISIOTCS CHEepUICCKUES SAMHHIIBI
(chepuueckue MUIEIIIBI), OHH CAMOOPTaHU3YIOTCS
B TMAJIOYKU-KOJTYMEJUIbl (IHJIUHAPUYECKHE MHIICII-
JB1), @ MOCJIEIHUE — B CIIOM F€KCAarOHaJbHO yHaKo-
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Puc. 1. CymmapHas momycxema, MoKa3bIBaoIIas [TABHBIC CTAJNH Pa3BUTHS SK3UHBI y Larix decidua (1eBasi KOJIOHKa) U CO-
OTBETCTBYIOIIYIO MOCIIEOBATEIbHOCT MUIICIUIAPHBIX Me30(ha3 (MpaBasi KOJIOHKA); a — Hayaio TeTPaIHOro nepuoaa. Mexay
kaso3oii (Ca) U ma3ManeMMoil mosiBisieTCs cioi minkokanukea (G) — OCHOBBI AJIsl pa3BUTHUS SK3UHBL, F — hunamMeHTs Ha
MOBEPXHOCTH TETPAjbl; ' — TMEePHO HAKOTUICHHUS TIIHKOMPOTEHHOB B MEPUILIA3MaTHIECKOM MPOCTpaHcTBe. DUIaMEHTHI
(3Iech M Ha CIEAYIONIAX CTAIUSIX) COOTBETCTBYIOT [UTHHHBIM IIAITHHAPHISCKAM MHUIEIUTaM; b — CpeHsist TeTpagHas CTausl.
CJ10ii TITMKOKATMKCA XOPOIIIO BRIPAYKEH, Ha €T0 MIOBEPXHOCTH — C(HeprIeCcKHe eANHHUIIbI, KOS-TJIe OPTaHM30BAHHBIC B CTOJOIIH;
b’ COOTBETCTBYIOT C(hepHUECKUM MHUIIEILIAM, a Koe-Tie (hopMam, MepexoaHbIM (TPaH3UTHUBHBIM) K IIHJIHHPHYECKUM MHUTIEI-
J1aM; ¢ — 9yTh OOJIee MO3IHSISI CTAAUs CpeiHe TeTpa ibl. HOBBIE 3JIeMEHThI — 3a4aTKH MIEPBOI JIAMEJUTbl SHIIK3UHBI (CTPEIIKA);
¢’ — Te e MHIEIUIAPHbIE Me30(a3bl B AKTIK3UHE U MOSBICHHUE TIEPBOI TAMUHATHON MUIEIUIBI y MIa3MasieMMbl; d — KOHell
cpenHeit TeTpamHoi cramun. Yucmo chepruecknx eNHUI NTMKOKATHKCA, BHICTPOCHHBIX B CTOJIOIIBI, YBEIHMUYMIOCH (TOJIOBKH
CTPETIOK). YIUTHHUINCE ¥ IPUMOPIHATbHBIE JTAMEIITbI SHI3K3UHbI, d' — yBeIWYeHne TPAH3UTHBHBIX MHUIIEIUT B OKTIK3HHE U
(parMeHTOB JTAMHHATHBIX MHUIICIUT B 00MacTH OymIyIieil SHAK3UHBI, € — MO3HSsI TeTpaHast cramus. JHmk3uHa (End) co-
CTOMT M3 HECKOJIbKUX JIAMEJIT, B OKTIK3MHE, KPOME MHOKECTBA C(HEPUUECKUX IIEMEHTOB-TPAHYJI, IPUCYTCTBYIOT OT/EIbHbIE
KPHBbIE KOJyMEJLIbI (TOJIOBKA CTPEIIKH); €' — CilydailHble HCKPUBIICHHBIE KOMYMEIUTbI B 9KTIK3MHE COOTBETCTBYIOT HCKPHB-
JICHHBIM IHJIMHAPHYSCKUM MUIIEIJIaM, JIAMeJUTbl YHIK3UHBI OCHOBAHBI HAa JIAMUHATHBIX MUIELIax; f — pacnamaromascs
TeTpaja. Bee sieMeHTHI SK3UHBI BRIPaXKEHBI SIpUE, THCII0 KOIYMEIUIO-TTOOOHBIX CTPYKTYP B OKTIK3MHE YBEIHMIHIOCH. berbie
JIMHUH B JIAMEJUTaX SHIIK3UHBI XOPOIIIO 3aMETHBI; f — 0CHOBA BCEX DIIEMEHTOB AK3HMHBI (Te e MUIEIUTIPHbIE Me30(hasbl, 4To
W Ha mpeasiayiei craaun); g, h, g’, h’ — B mocT-TeTpaHOM MepHojie HOBBIX CTPYKTYP B OK3MHE HE 00pa3yeTcs, MPOUCXO-
JTAT JIMIIb MAaCCOBast aKKYMYJISILIUS CIIOPOTIOJUIEHHHA Ha yKe MMEIOIIUXCsI, 0COOEHHO HA HAPYXHBIX C(HEPUUECKUX €IMHUIIAX
9KTIK3UHBI (g') M YIUIOTHEHHE BCEX CIIOCB BCICICTBUE pocTa oObema ruroruia3mel (h, h')
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Puc. 2. CymmapHas noxycxema, MOKa3bIBaroOIas IIaBHBIC CTAIUH PAa3BUTHS YK3UHEI Y Polemonium caeruleum (jieBas xo-
JIOHKA) U COOTBETCTBYIOIIYIO TOCIIE0BATEIbHOCTh MULICIUIAPHBIX Me30(da3 (mpaBast KOJIOHKA); (a—C) — TEeTpajHbIe CTAHH
pa3BUTHS; @ — paHHS TeTpajaHas cTaaus. B pa3BuBaromeMcs IIIMKOKaJIUKCE BUAHBI C(epUUecKre eIUHHLBI (CTPEIIKH),
OrIKe K MOBEPXHOCTH MEPECTPANBAIOIINECs B CTOIOIBI (TOJOBKH CTPEJIOK), UM COOTBETCTBYIOT C(hepHUeCKUEe MHIIEIIIBI
(a") m mepexonHas Me3o(asza B BUAC KOIOHOK cheprueckux Muneni (a'’); b — cpennss rerpagnas cragus. CToiaOusr cde-
PHUECKUX AIEMEHTOB (TOIOBKA CTPEIIKH CIIPaBa) CAMOOPTaHN3YIOTCS B KOMIUIEKCHYIO IMIIMHIPUIECKYIO CTPYKTYpY (IIpo-
KOJIyMeJULy — JIeBasi TOJIOBKA CTPeKH). VIHUIMAIbHBIN TeKTYM (CTpeiKa). DTH 3J€MEHTHI COOTBETCTBYIOT TPAH3UTUBHBIM
muteuiaM (") 1 nnuHApuYeckuM munesuiam (b'); ¢ — nmo3nHss TerpanHas craaus. [Ipokomymessl (CTpesika) 1 TEKTYM
XOPOILO Pa3IMYUMBI O1aroapsi MHUIHAIbHOW aKKyMYJISLUH CIIOPOIIOJIJIEHNHA. B 0CHOBE KOJTyMeIuT — My4OK [UJIMHIpHYEC-
kux munena (c'); d — cramust pacnajgaronieiicss Terpaasl. [losBieHre nepBoi JaMeNbl SHAK3UHBI ¢ IEHTPaIbHON Oenoi
JTUHAEH (CTpeNKa), BOSHHUKIIESH Ha OCHOBE MEPBOiT TaMuHaTHON MUTIeIUTHI (d'); € — cTanust cpeaHeil cBOOOIHON MUKPOCIOPHI.
OH/I9K3MHA COCTOUT M3 HECKOJBKHX JIaMEIUI, BUAHBIX Onaromapsi 6eibM smHUAM. OHNM BO3HHUKIN HA OCHOBE JJAMUHATHBIX
MHLEIUT C X IIPOMENKYTKaMH Mex Iy Ouciosmu (e'), kotopsle BuaHbI B TOM kak Oernble muHHK. Ha moBepxHOCTH TekTyMa
BUJIHBI CIIOPOTIOJUICHHH-aKIIENTOPHbIE yacTUIbl (SAPs) — MecTa Oyayiux munukos; f — cTaaus no3aHel cCBOOOIHON MUKPO-
criopsl. [TosiBJIeHHE ry04YaToro cios CHapy»H SHIPK3UHBI (3BE3/I0YKA), BOSHUKAIOIIECTO HA OCHOBE ry0YaTod MHICIUIPHON
me3o¢assl (f'); g — mouTH 3pernast 9K3WHa, BKIIFOYAIOIast IPEPBIBUCTHIN TEKTYM, KOJIyMEJUTbI H O4€Hb TOJICTHINA MOACTHIIAIONIHN
CII0¥1 (3Be3/1049Ka), MPEPHIBAIOIIMIACS B 001aCTH arepTypshl. JIaMeITsl SHAK3UHBI BUIHBI Onarogaps 6emsiM truHuSM. [nmmkn
(TOTIOBKH CTpENIOK) BO3HUKIN Ha MecTax SAPS Kak KOpOTKHe IIIHHApHYeCKrne MUTEIUTHI (g). Bes 9KTAK3MHA MTpOHM3aHa
MHUKpPOKaHallaM1, BO3HUKIIMMHU B ITOIYKUAKOW (Ha ATOM CTaJMHU) SKTIK3UHE Ha OCHOBE THAPO(UILHO-THIPOPOOHON OUKOH-
THHYaJIbHOM CTPYKTYpHI (g)
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BaHHBIX [AJIOYKOBUHBIX IEMEHTOB (B Cilydae KoJly-
MEJUISITHON AKTIK3WHBI); 3aT€M 00pa3yroTcs OUCIIOon,
pas/eNeHHbIe TIPOMEKYTKOM — JIAMUHATHBIC MUIIETI-
el (1amesuibl), XapakTepHble ISl JaMEJUISITHOMN
SHJPK3UHBI, MPUYEM MPOMEXKYTKH MEXKIY HUMH
BUJHBI KaK XOPOILIO H3BECTHBIC «Oeible JTHHHUMY.
VY pa3HbIX BUJ0B HEKOTOpbIE Me30(]a3bl MOTYT BBI-
najarh Wik, HAOOOPOT, BO3HUKATh JOMOIHUTEIbHbBIE
(HaMu Ha3BaHBI TOJHKO OCHOBHBIE), OCOOEHHO Y
CIOp, CTPOEHHE CHOPOJIEPMBbl KOTOPBIX IPOIIE, YeM
y neuibLbl. [locne akKymynsiLiuu CIOPOIOJIIEHUHA
Ha MUIEJJIaX SK3MHA MPEACTaBIsACT COO0M «3aCThIB-
HIYI0 UCTOPUIO» €€ 00pa30BaHUs KaK MULEIUIIPHOI
MOCJIEeI0BATEIbHOCTH, YBEKOBEUCHHYIO XHMUYECKH
nHepTHBIM nosiuMepoM (I"'abapaesa, Xomcnu, 2010).
PazymeeTcs, TOUHBIN XUMHUYECKUN COCTAB M KOHIIEH-
Tpalusi BCeX MHIPEIMEHTOB B MEPUIIIIa3MaTHUYECKOM
IIPOCTPAHCTBE IPU Pa3BUTHUU SK3UHBI HAXOASTCS 11OJ
KOHTPOJIEM T'€HOMa, T.€. 4YacTb MEXaHH3MOB JI€Tep-
MUHALUU CTPYKTYpBl 3K3UHBI B XOZIE €€ Pa3BUTHUSA
COCTAaBIIAET MPSIMOM T€HOMHBIN KOHTPOJIb, a YaCTh
OrocpeioBaHa 4Yepe3 CaMOOPTaHM3aIUIo, Ha BOIIO
KOTOPOHM OTHYIIEHAa 3HaYUTeJIbHas A0 MPOLECCOB
(labapaesa, 2014).

Bo3MmoxxHOCTh  ydacTusi camMOOpraHu3aluu B
Pa3BUTHM CIOP M HIbUIBLBEI 00CyXaanack B 0030-
pe Wellman (2004). [dyisi BBISBIACHUS POJIM CaMo-
OpraHu3aluy B Pa3BUTUM SK3UHBI Mbl IIPOBEIH P
9KCIIEPUMEHTOB 1O MOJAEIUPOBAHUIO CTPYKTYPHI
OK3UHBI [n Vitro B KOJUIOUJHBIX PacTBOPAX BEILIECTB
(aHAJIOTMYHBIX TPUPOJHBIM B MEPHUILIA3MATHIECKOM
MIPOCTPAHCTBE MUKPOCIIOP), KOTJa BIUSHUE T€HOMa
nosHoCThI0 cHsITO (Gabarayeva, Grigorjeva, 2013,
2016). B xoze aTHX PKCIEPUMEHTOB OBLIO JOKAa3aHO,
9TO «YUCTas» CaMOOPTaHU3aLUs, OCBOOOXKIEHHAs
OT PETYIUPYIOLIETO BIUSIHUS FT€HOMA, CIIOCOOHA CO3-
JlaBaTh IATTEPHBl, OUEHb CXOXKHE C Pa3BUBAIOILUMCS
[JIMKOKAJIMKCOM U OTJEIbHBIMU CIOSIMHU 3K3UHBI. MBI
MOJTYYHITH TENBIH CIIEKTP MoJiesield (CUMYIISTOB), KO-

TOpPbIE UMUTHUPYIOT Pa3IUYHbIE CTPYKTYPbl YK3HHBI,
ENbIE €€ CJIOM, a TAKXKE HIIEMEHTHI CKYJIBIITYPHI.

Hamm HOBBIE HCCIIEIOBaHUS TIOCBSIICHBI JIByM
BugaMm: Larix decidua (Pinaceae) u Polemonium
caeruleum (Polemoniaceae). MeToguku uccle-
noBaHusi paszpaboranbl panee (['abGapaeBa 2014;
Gabarayeva, Grigorjeva, 2016). UccrnenoBanue pas-
BUTHS OK3MHBI TOJIOCEMEHHOTO Larix decidua mo-
Ka3aJio, 9YTO BCE Pa3BUTHE TPAHYISIPHON SKTIK3HHBI
3TOTO BHUJIa UJET HA OCHOBE CEPUUYCCKUX CIUHMII-
MUIIEIUI, TOTJ]a KaK Pa3BUTHE JIAMEJUISTHON SHJIIK-
3MHBI — Ha OCHOBE JIJAMHHATHBIX MuIemt (puc. 1).
Cdepurueckue rpaHyIibl KTIK3UHBI IBHO apaHXHPO-
BaHBI B KOJIYMEJUIO-TIOOOHBIE, HECKOIBKO HCKPUB-
JICHHBIE CTPYKTYPbI, MECTAMH MEPEXOIAIINE B HACTO-
AIIMe KpUBOBaThie Komymeutsl (puc. 1 e, ). 910 sB-
JICHHE OTpa)kaeT M3BECTHOE CBOMCTBO HEpaBHOBEC-
HOCTH MUIEJUISIPHBIX CUCTEM, B KOTOPBIX BO3MOYKHBI
MecCTHbIE (PIyKTyaluu — nepexoji OCHOBHOU Me30da-
3Bl B CIICAYIOINLYIO (B IAHHOM CiTy4ae — chepruuecKux
MUIEIUT B OWIMHApHYeckue). [IpoBeneHHbIE HAMU
IKCIIEPUMEHTBI i1 Vitro TIO TOJYYCHHIO CUMYJISITOB
9KTIK3WUHBI M DHJAK3UHBI Larix decidua Ha pa3HbBIX
CTaIusAX Pa3BUTHA M3 CaMOOPTaHU3YIOUIUXCS MHU-
HEJUIIPHBIX PACTBOPOB MOJATBEPIMIN YUACTHE CAMO-
OpTaHW3aliU B PA3BUTUU CIIOPOIEPMEI.

HccrenoBanue pa3BUTHS SK3HHBI TOKPBITOCE-
MeHHOTO Polemonium caeruleum moKa3ano, 4TO
MOCJIEIOBATEIbHOCTh BO3HUKAIOIINX CTPYKTYpP, Kak
W B ClIy4ae ToJioceMeHHoro Larix decidua, cOOTBET-
CTBYET ITOCJICZIOBATEILHOCTH CaMOOPTaHU3YOLIHXCS
MULEUIIPHBIX Me30(a3, HeCMOTpS Ha 3HAYUTENb-
HYIO Pa3HUIy B CTPYKTYpE DK3WHBI 3pPEIbIX MUKPO-
criop (puc. 2). To xe sBIeHUE HAOIIOIAIOCh HAMHU
B OHTOTCHE3€ BCEX paHee HCCIEJIOBAHHBIX BHUJIOB.
Pazymeercsi, KaxIblif BUI IMEET CBOU OCOOCHHOCTH
pPa3BUTHSI, OJIHAKO BCE OHM YKJIQJIBIBAIOTCS B TIpee-
JBl BapHaIMi CaMOOPTAaHU3YIOIIUXCS MULEIUIS PHBIX
CHCTEM.
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UNDERLINING MECHANISMS OF EXINE FORMATION AND THEIR
MEANING FOR STRUCTURE DIVERSITY

NI Gabarayeval, VV. Grigorjevaz, PA. Cinman’

The evidence suggests that genome and self-assembly probably share control of exine
formation. It is known that self-assembly plays a considerable role in living nature. Its input
as a driving motive in sporoderm development is evident. One of advantages, conferred by
self-assembly, is a high potential of variability, inherent in non-linear systems. This makes self-
assembly an important instrument of evolution.

Kew words: exine development, control and driving motive, self-assembly.
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